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Abstract: This study was conducted to investigate allometry of head growth patterns in the grass snake (Natrix natrix (Linnaeus, 1758)).
Although male and female grass snakes differ in relative head size, their head growth patterns follow similar trajectories. The sexual
differences are roughly constant during ontogeny. Most head dimensions grow with negative allometry or isometry with respect to the
snout–vent length except head width, which grows with positive allometry in both sexes.
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Sexual dimorphism is a common phenomenon in the
animal kingdom and has been reported in numerous snake
species (see Shine, 1993 for review). In most colubrids
(sensu lato) females are the larger sex (Shine, 1994). Body
size differences are often accompanied by body shape
and scalation differences, e.g., proportionally longer male
tails or longer female trunks (Thorpe, 1989; Shine, 1993;
Bonnet et al., 1998), and dietary niche divergence that
leads to head size and shape sexual dimorphism (Pough
and Groves, 1983; Shine, 1986; Camilleri and Shine, 1990;
Shine, 1991; Vincent and Herrel, 2007; but also see Luiselli
et al., 2002).
In the European grass snake Natrix natrix, females
tend to be the larger sex (Mertens, 1947; Kminiak and
Kaluz, 1983; Madsen, 1983; Feriche et al., 1993; Madsen
and Shine, 1993; Mertens, 1995, Gregory, 2004; Borczyk,
2007; Baier and Wiedl, 2010). It makes them more energyconsuming, as maintaining a larger body is energetically
expensive. Moreover, the costs of reproduction are higher
for females due to the nutritional components needed for
developing eggs or embryos. Thus, one can expect females
to evolve adaptations enabling them to be more effective
in acquiring energy (food). Many researchers have shown
that grass snake males and females differ in their food
habits; however, in some populations these differences
are limited only to prey size, or both prey size and type
(Madsen, 1983; Filippi et al., 1996; Luiselli et al., 1997;
Gregory and Isaac, 2004), but it is always the females that
feed on larger prey. In the case of snakes, the prey size (and
thus the prey spectrum) is limited by predator gape size
(Arnold, 1993; Cundall and Greene, 2000; but see Jayne et
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al., 2002 for the exception of crab-eating snakes), and in
the grass snake, these dietary differences are accompanied
by relatively bigger heads in females (e.g., Thorpe, 1979;
Kabisch, 1999).
As there is female-biased sexual size and head-size
dimorphism in the grass snake, an interesting question
arises: namely, whether male and female head dimensions
follow different allometric trajectories.
Forty-nine grass snakes (26 males and 23 females)
from the collection of the Zoological Institute of the
Russian Academy of Sciences (St. Petersburg) were
measured (see Appendix). The snakes came from the
Kalmykia region (Russia). The following dimensions were
measured: the snout-to-vent length (SVL), head length
(HL), head width (HW), head height (HH), pileus length
(PLL), and mandible length (MDBL). SVL was measured
to the nearest 1 mm using a string that reached along the
midventral surface of the specimen from the snout to the
cloaca, and all head dimensions were measured using a
digital caliper to the nearest 0.01 mm.
To evaluate the overall pattern of head size and shape
variation, a principal component analysis (PCA) was run
on a covariance matrix. To evaluate the pattern of head
growth, a regression was run on the head dimensions on
the SVL. Because measurement error is present in both
dependent and independent variables, the ordinary leastsquares regression may produce skewed values for the
allometry equations (Sokal and Rohlf, 1995). Thus, RMA
regression was applied using RMA Software for Reduced
Major Axis Regression, v. 1.17 (Bohonak, 2004). The
confidence intervals were calculated with 1000 bootstrap

BORCZYK / Turk J Zool

PC3 also show statistically significant differences between
the sexes (r2 = 0.1, F = 4.721, P = 0.035 and r2 = 0.085, F =
4.277, P = 0.044); however, they explain so little variation
that they may be omitted in further analyses (Table 1).
Table 2 presents the slope parameters calculated for
the particular characters. In the case of HL, PLL, and HW,
males have higher allometric coefficients compared to
females, and the reverse is true for HH and MDBL. The HL
in females grows with slightly negative allometry and HW
in males grows with positive allometry. Other parameters
show similar growth patterns in both sexes with respect

replications. Deviations from isometry and homogeneity
of slopes between the sexes were examined by inspection
of the 95% confidence intervals of the slope estimates.
PCA yielded 3 axes (Table 1). ANCOVA with sex
and SVL as independent variables and PC1 scores as the
dependent variable showed that both sexes statistically
differ when controlling for SVL and that females have
larger heads (r2 = 0.905, F = 20.556, P < 0.001; Figure). The
characters that contribute the most to PC1 are head length
and mandible length. Interestingly, the head height has a
relatively low contribution to this axis (Table 2). PC2 and
Table 1. Variable loadings for principal component analysis of
head length (HL), pileus length (PLL), head width (HW), head
height (HH), and mandible length (MDBL) of Natrix natrix from
the Kalmykia region, Russia; eigenvalues and percentage (%) of
variation explained by each of the 3 axes.
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Figure. Principal component scores of 5 head dimensions as a
function of snout–vent length reveal that female Natrix natrix
have proportionally bigger heads than males.

Table 2. Intercepts, slopes, and their 95% confidence intervals of RMA regression of head measurements regressed on SVL male (M)
and female (F) of grass snakes (Natrix natrix).
Character

Sex

a

Intercept 95% confidence
intervals

b

Slope 95% confidence
intervals

R2

HL

M

–0.122

–0.442

0.072

0.851

0.743

1.031

0.857

F

–0.0003

–0.209

0.152

0.792

0.710

0.915

0.911

M

–0.588

–1.270

0.079

1.047

0.669

1.431

0.714

F

–0.018

–0.232

0.128

0.728

0.645

0.850

0.913

M

–1.181

–1.703

–0.660

1.311

1.037

1.727

0.729

F

–0.626

–1.228

–0.239

1.014

0.796

1.348

0.652

M

–0.586

–1.120

–0.220

0.863

0.651

1.169

0.343

F

–0.695

–0.992

–0.440

0.940

0.798

1.099

0.815

M

–0.085

–0.398

0.173

0.814

0.666

0.987

0.797

F

–0.103

–0.340

0.059

0.842

0.751

0.972

0.916

PLL
HW
HH
MDBL
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to the SVL (isometry or negative allometry). Female HW
and male HH show relatively low r2 values (0.652 and
0.343, respectively), which means that these characters are
strongly variable in both sexes.
The allometric pattern of head dimensions growth
is similar in both sexes, although there are some minor
differences. In general, males and females follow similar
head growth trajectories and the differences between the
sexes are roughly the same through the ontogeny, which
corresponds to previous observations (King et al., 1999).
However, it has been demonstrated that although the
differences between the sexes remain constant during
ontogeny, the differences in maximum prey size increase
(King, 2002). The only dimension that grows with
positive allometry in both sexes is the head width. The
head width contributes positively to gape size, and thus
allows exploration of a wider prey size range. It also may
be possible that a wider head provides more space for
jaw musculature, and thus the snake is able to generate a
more powerful bite. Grass snakes do not kill the prey by
crushing with the jaws as lizards do, or by constriction
or envenomation as many other snake species do, but in
fact swallow their prey alive. Thus, a strong bite, which
improves the snake’s ability to hold actively struggling
prey, usually anurans with powerful hind limbs (Filippi
et al., 1996; Shylakhtin et al., 2005; Najbar and Borczyk,
2012), may be of greater importance for bigger snakes,
which as a consequence of their size prey on larger and
thus stronger animals. Head width is positively correlated

with bite strength in lizards (Herrel et al., 2001; McBrayer,
2004; Lappin et al., 2006); however, as far as I know, there
is no bite-force data for colubrid snakes.
The relative head-size dimorphism in snakes seems
to be a common phenomenon in snakes, and usually the
larger sex also has a relatively larger head, as documented
in numerous studies including the genus Natrix (Mertens,
1947; Shine, 1993; Mebert, 1996, 2011). However, because
of the relatively low number of published studies on the
sexual differences in head growth pattern in snakes, it
is hard to make generalizations. In some snake species,
males and females follow the same allometric pattern and
the differences between them are constant, regardless of
the presence and direction of sexual size dimorphism
(Forsman, 1991; Vincent et al., 2004a, 2004b; Elgee and
Blouin-Demers, 2011), but in other cases there are some
differences (Luiselli et al., 2002). More results regarding
species with both male- and female-biased sexual
dimorphism covering a wide taxonomical range are
needed to make more general conclusions possible and to
test the ideas about parallel or independent evolution of
such dimorphism.

Appendix
Measured specimens (ZIN: Zoological Institute, Russian
Academy of Sciences). Males: 13513.3-4, 14648.1,
21187.1-6, 8-9, 21188.1, 3-4, 9, 21189.1, 5, 8, 12, 21703/p-

2908, 23237, 24325, 24327, 24328, 24329; Females: 4045,
10312, 21185.2-5, 21187,7, 21189.6-7, 9, 11, 13, 21188.1-2,
8, 21703/p-2906, p-2909, 23043.1, 2, 24326, 24330, 24331,
24332.

Acknowledgments
I thank the staff of the Department of Herpetology of
the Russian Academy of Sciences (St. Petersburg) and
especially Natalia Ananjeva and Constantin Milto for their
kind reception, permission for studying specimens under
their care, and help during my time in St. Petersburg.

References
Arnold SJ (1993). Foraging theory and prey-size-predator-size
relations in snakes. In: Seigel RA, Collins JT, editors. Snakes:
Ecology and Behavior. New York, NY, USA: McGraw-Hill, pp.
87–115.

Borczyk B (2007). The causes of intraspecific variation in sexual
dimorphism in the common grass snake populations, Natrix
natrix Linnaeus, 1758 (Serpentes, Colubridae): data from
southwestern Poland. Acta Zool Crac 50A: 9–13.

Baier F, Wiedl HJ (2010). The re-evaluated conservation status of the
mountain populations of the highly endangered Cyprus grass
snake, Natrix natrix cypriaca (Hecht, 1930), with miscellaneous
natural history notes. Salamandra 46: 16–23.

Camilleri C, Shine R (1990). Sexual dimorphism and dietary
divergence: differences in trophic morphology between male
and female snakes. Copeia 1990: 649–658.

Bohonak A (2004). RMA. Software for Reduced Major Axis
Regression. San Diego, CA, USA: San Diego State University.

Cundall D, Greene HW (2000). Feeding in snakes. In: Schwenk K,
editor. Feeding: Form, and Evolution in Tetrapod Vertebrates.
San Diego, CA, USA: Academic Press, pp. 293–333.

Bonnet X, Shine R, Naulleau G, Vacher-Vallas M (1998). Sexual
dimorphism in snakes: different reproductive roles favour
different body plans. Proc R Soc Lond B 265: 179–183.

Elgee K, Blouin-Demers G (2011). Eastern garter snakes
(Thamnophis sirtalis) with proportionally larger heads are in
better condition. Amphibia-Reptilia 32: 424–427.

342

BORCZYK / Turk J Zool
Feriche M, Pleguezuelos JM, Cerro A (1993). Sexual dimorphism
and sexing of Mediterranean colubrids based on external
characteristics. J Herpetol 27: 357–362.

Mebert K (1996). Comparaison morphologique entre des populations
introduites et indigènes de Natrix tessellata de l’Arc Alpin. Bull
Soc Herp France 80: 15–25 (in French).

Filippi E, Capula M, Luiselli L, Agrimi U (1996). The prey spectrum
of Natrix natrix (Linnaeus, 1758) and Natrix tesselata (Laurenti,
1768) in sympatric populations (Squamata: Serpentes:
Colubridae). Herpetozoa 8: 155–164.

Mebert K (2011). Sexual dimorphism in the dice snake (Natrix
tessellata) from the Central Alps. Mertensiella 18: 94–99.

Forsman A (1991). Adaptive variation in head size in Vipera berus L.
populations. Biol J Linn Soc 43: 281–296.
Gregory PT (2004). Sexual dimorphism and allometric size variation
in a population of grass snakes (Natrix natrix) in southern
England. J Herpetol 38: 231–240.
Gregory PT, Isaac LA (2004). Food habits of the grass snake in
southeastern England: is Natrix natrix a generalist predator?
J Herpetol 38: 88–95.
Herrel A, De Grauw E, Lemos-Espinal JA (2001). Head shape and
bite performance in xenosaurid lizards. J Exp Zool 290: 101–
107.
Jayne BC, Voris HK, Ng PKL (2002). Snake circumvents constraints
on prey size. Nature 418: 143.
Kabisch K (1999). Natrix natrix (Linnaeus, 1758) –Ringelnatter. In:
Böhme W, editor. Handbuch der Reptilien und Amphibien
Europas, Vol. 3/Schlangen II. Wiesbaden, Germany: AULAVerlag, pp. 513–580 (in German).
King R (2002). Predicted and observed maximum prey size - snake
size allometry. Funct Ecol 16: 766–772.
King RB, Bittner TD, Queral-Regil A, Cline JH (1999). Sexual
dimorphism in neonate and adult snakes. J Zool (Lond) 247:
19–28.
Kminiak M, Kaluz S (1983). Evaluation of sexual dimorphism in
snakes (Ophidia, Squamata) based on external morphological
characters. Folia Zool 32: 259–270.
Lappin AK, Hamilton PS, Sullivan B (2006). Bite-force performance
and head shape in a sexually dimorphic crevice-dwelling
lizard, the common chuckwalla [Sauromalus ater (= obesus)].
Biol J Linn Soc 88: 215–222.
Luiselli L, Akani GC, Corti C, Angelini FM (2002). Is sexual size
dimorphism in relative head size correlated with intersexual
dietary divergence in West African forest cobras, Naja
melanoleuca? Contr Zool 71: 141–145.
Luiselli L, Capula M, Shine R (1997). Food habits, growth rates,
and reproductive biology of grass snakes, Natrix natrix
(Colubridae) in the Italian Alps. J Zool (Lond) 241: 371–380.
Madsen T (1983). Growth rates, maturation and sexual size
dimorphism in a population of grass snakes, Natrix natrix, in
southern Sweden. Oikos 40: 277–282.
Madsen T, Shine R (1993). Phenotypic plasticity in body size and
sexual size dimorphism in European grass snake. Evolution 47:
321–325.

Mertens D (1995). Population structure and abundance of grass
snakes, Natrix natrix, in Central Germany. J Herpetol 29:
454–456.
Mertens R (1947). Studien zur Eidonomie und Taxonomie der
Ringelnatter (Natrix natrix). Abh Seckenberg Naturi Ges 476:
1–30 (in German).
Najbar B, Borczyk B (2012). Zaskroniec Zwyczajny. Biologia
i Ochrona. Zielona Góra, Poland: Oficyna Wydawnicza
Uniwersytetu Zielonogórskiego (in Polish).
Pough HF, Groves JD (1983). Specialization of the body form and
food habits of snakes. Am Zool 23: 443–454.
Shine R (1986). Sexual differences in morphology and niche
utilization in an aquatic snake, Acrochordus arafurae. Oecologia
69: 260–267.
Shine R (1991). Intersexual dietary divergence and the evolution of
sexual dimorphism in snakes. Am Nat 138: 103–122.
Shine R (1993). Sexual dimorphism in snakes. In: Seigel, RA and
Collins JT, editors. Snakes: Ecology and Behavior. New York,
NY, USA: McGraw-Hill, pp. 49–86.
Shine R (1994). Sexual size dimorphism in snakes revisited. Copeia
1994: 326–346.
Shylakhtin GV, Tabachishin VG, Zavialov EV (2005). Nutrition
ecology of grass snake (Natrix natrix) in the north of the Lower
Volga region. Mod Herpetol 2005: 111–116.
Sokal RR, Rohlf FJ (1995). Biometry: Principles and Practices of
Statistics in Biological Research. New York, NY, USA: W. H.
Freeman.
Thorpe RS (1979). Multivariate analysis of the population systematics
of the ringed snake, Natrix natrix (L). Proc Roy Soc Edin 78B:
1–62.
Thorpe RS (1989). Pattern and function of sexual dimorphism:
a biometric study of character variation in the grass snake
(Natrix natrix, Colubridae) due to sex and its interaction with
geography. Copeia 1989: 53–63.
Vincent SE, Herrel A (2007). Functional and ecological correlates of
ecologically-based dimorphism in squamate reptiles. Int Comp
Biol 47: 172–188.
Vincent SE, Herrel A, Irschick DJ (2004a). Ontogeny of intersexual
head shape and prey selection in the pitviper Agkistrodon
piscivorous. Biol J Linn Soc 81: 151–159.
Vincent SE, Herrel A, Irschick DJ (2004b). Sexual dimorphism in
head shape and diet in the cottonmouth snake (Agkistrodon
piscivorous). J Zool (Lond) 264: 53–59.

McBrayer LD (2004). The relationship between skull morphology,
biting performance and foraging mode in Kalahari lacertid
lizards. Zool J Linn Soc 140: 403–416.

343

